We examined avian community ecology in the Klamath Ecoregion and determined that individual bird species co-exist spatially to form 29 statistically distinguishable bird groups. We identified climate, geography, and vegetation metrics that are correlated with these 29 bird groups at three scales: Klamath Ecoregion, vegetation formation (agriculture, conifer, mixed conifer/hardwood, shrubland), and National Park Service unit. Two climate variables (breeding season mean temperature and temperature range) and one geography variable (elevation) were correlated at all scales, suggesting that for some vegetation formations and park units there is sufficient variation in climate and geography to be an important driver of bird communities, a level of variation we expected only at the broader scale. We found vegetation to be important at all scales, with coarse metrics (environmental site potential and existing vegetation formation) meaningful across all scales and structural vegetation patterns (e.g. succession, disturbance) important only at the scale of vegetation formation or park unit. Additionally, we examined how well six National Park Service units represent bird communities in the broader Klamath Ecoregion. Park units are inclusive of most bird communities with the exception of the oak woodland community; mature conifer forests are well represented, primarily associated with conifer canopy and lacking multi-layered structure. Identifying environmental factors that shape bird communities at three scales within this region is important; such insights can inform local and regional land management decisions necessary to ensure bird conservation in this globally significant region.
Introduction
In any given landscape, a hierarchy of factors influence individuals, populations, and communities [1] . The study of community ecology integrates the occurrence, co-occurrence, and interactions of species with their measurable environment [2] [3] [4] . Bird distribution studies have climate, geography, and vegetation associated with those communities. Because patterns and processes shaping bird communities are scale dependent, we consider three spatial scales: Klamath Ecoregion, vegetation formation, and National Park Service unit. We test the hypotheses that 1) compositionally distinct bird groups can be identified in the Klamath Ecoregion and if those groups exist, 2) environmental factors including a number of climate, geography, and vegetation variables will relate differently at the three spatial scales (Klamath Ecoregion, vegetation formation, National Park Service unit). We suggest that correlations with climate variables will be most important at the ecoregion scale, geography variables most important at the vegetation formation scale, and vegetation variables most important at the park unit scale.
Previous work has examined bird communities in adjacent regions, e.g. Oregon Coast Range [14] and Great Basin shrub-steppe [28] , but to our knowledge no such multi-scale study has occurred in the Klamath Ecoregion. Identifying environmental factors that shape bird communities at three scales within this region is important because local and regional land management decisions, including management of altered disturbance regimes, are applied at those scales. Additionally, through this scaled approach, we aim to identify how well the National Park Service units represent the composition and diversity of bird communities in this region. In combination, we aspire to inform conservation efforts for both birds and the habitats that they represent.
Methods

Study Area
The Klamath Ecoregion is located in northern California and southern Oregon. This region has been described slightly differently by various authors [17, 29, 30] ; here, we define it as the Klamath, Rogue, Umpqua, and Lassen HUC-8 watersheds (Fig 1) . It extends from the Pacific Ocean to the east slope of the Cascade Mountains and adjacent volcanic plateaus, with average elevation in the mountains ranging from 1500-2000 meters. The biogeography of this region is largely influenced by proximity to the ocean and the convergence of the Cascade, Siskiyou, and Klamath Mountains. The Klamath Ecoregion is the meeting point for several biogeographic provinces and associated ecoregions: California coast range, Oregon coast range, Cascade range, California central valley, Sierra Nevada range, and Great Basin [15, 30] . The region has a varied climate, primarily influenced by distance from ocean, elevation, and latitude [19] .
The varied geology, soil, and climate, combined with correspondingly heterogeneous disturbance histories, contribute to diverse vegetation communities [31] . The region is dominated by coniferous and mixed conifer hardwood forests, with important components of grassland, meadow, chaparral, and shrub-steppe. The western edge of the region is dominated by redwood forests (Sequoia sempervirens) with spruce (Picea sutchensis) and western hemlock (Tsuga heterophylla) in the northern parts. Inland, the western part of the region is dominated by mixed conifer forests largely composed of Douglas fir (Pseudotsuga menziesii) with hardwood components; high elevation sites, with significant winter snowpack, are dominated by mixed conifer forests with diverse assemblages of conifer species, and at the highest elevations by true fir (Abies spp.), mountain hemlock (Tsuga mertensiana), and whitebark pine (Pinus albicaulis). Oak (Quercus spp.) woodlands, grasslands and chaparral are intermixed throughout the forest stands, increasing in importance from west to east, with the easternmost edge predominately shrub-steppe. Riparian vegetation is also found throughout the region including willows (Salix spp.), alders (Alnus spp.), and at higher elevations wet alpine meadows and mesic aspen (Populus tremuloides) stands [31, 32] .
The study area includes six National Park Service units: Crater Lake National Park (Crater Lake NP), Lassen Volcanic National Park (Lassen Volcanic NP), Lava Beds National Table) .
Analyses
SIMPROF.
The number and composition of bird groups in the Klamath Ecoregion were determined using Similarity Profile Test (SIMPROF) in the multivariate analysis package Primer-E [46, 47] . SIMPROF works as an iterative process, testing individual nodes of a cluster analysis (using Sørenson similarities and group average linkage method). At each node, SIM-PROF tests for underlying structure. Samples below a node are ranked by similarity, forming a "similarity profile, " and a null model of no structure is derived by randomizing the allocation of species at a site, and repeating the rank profile (many times to develop a mean randomized profile). A departure statistic π is then calculated as the deviation of the observed profile against the mean randomized profile. A null distribution of π is then calculated by repeated permutation of the randomized site by species matrix. The observed departure statistic, π, can then be referred to the null distribution of π. The null hypothesis of no significant structure in that node can then be rejected using the standard permutation tests [48] at the level of P < (# observed greater or equal values of π + 1)/(# of randomizations + 1). All randomization procedures used in this manuscript used 999 randomizations.
SIMPROF's advantage is that it is iterative, and provides a stopping rule for unwarranted analysis of the substructure of each node [47] . Additionally, each cluster is considered separately, so that an arbitrary amount of similarity is not used to determine ecological significance, allowing some clusters to have ecologically significant sub-groups while others have absence of structure. However, due to a large sample size, significance can occur with subtle biological similarities. To account for statistical significance interfering with ecological significance we selected a lower than typical (P < 5%); α level of 0.3% for rejecting the null hypothesis of no ecological structure. The end result of SIMPROF is an a posteriori bird grouping scheme derived from the species presence/absence data.
We associated each bird group with a single vegetation formation using two LANDFIRE variables. First, we used LANDFIRE EVT_PHYS to assign each group to a vegetation formation (agriculture, conifer forest, or shrubland) based on the formation most common among the sites that contributed to the SIMPROF group. This worked for all but one group, which had sites split evenly in conifer and shrubland. In that instance we looked at the finer resolution class LANDFIRE EVT_GP_N (Existing Vegetation Type Group Name), and because conifer included juniper, which is closely related to shrubland in this region, we classed this group as shrubland. To further parse out the conifer vegetation formation into pure conifer versus mixed conifer/hardwood we again used the finer resolution LANDFIRE class. Previous work has suggested 20-60% total cover comprised of broadleaf species to be indicative of mixed conifer/hardwood in our study area [13] . Following that, we assigned a species group as mixed conifer/hardwood if >20% of the sites had classifications of chaparral, conifer-oak forest and woodland, juniper woodland and savanna, aspen forest, woodland and parkland, or western oak woodland and savanna.
SIMPER. Species important in defining the bird groupings across the Klamath Ecoregion were determined using Similarity Percentage (SIMPER) routine in Primer-E. SIMPER works from groups (in this case determined using SIMPROF), and calculates the average similarity across all the samples within the group. In turn, it takes each bird species and leaves it out, and then recalculates the average similarity. The change in similarity is the contributing amount of the bird species removed. By repeating this procedure, the contribution of each bird species to group similarity is derived. A bird species was considered a "defining" species if it contributed to the top 90% of total group similarity.
Visualization of patterns. The graphic representation of how sites relate to one another in ecological space was viewed to discern finer scale relationships (i.e., plots of a single vegetation formation) using Non-metric Multidimensional Scaling (NMS) [49] . Once configured, sites can be identified based on park unit to gain insight into their relationship among the wider configuration of sites. Species with a correlation coefficient ! 0.5 are displayed.
Relating environmental variables to bird community plots. We explored the relationship of environmental metrics to the observed sites using three mechanisms: (1) Analysis of Similarity tests on a priori categorical environmental classes, (2) Biota-Environmental matching, where a subset of best performing continuous environmental variables was determined; and (3) correlation of continuous environmental variables with the axes of the NMS ordinations. Each is briefly described below.
Analysis of Similarity (ANOSIM) was used to determine linkages between categorical environmental variables (e.g., succession class, vegetation class) and sites [50] . ANOSIM is a multivariate test for the null hypothesis of no differences in bird groups between the classes within the variable. A test statistic, R, which reflects the average rank similarities within the classes versus average rank similarities between different classes is examined. R is closer to 1 if plots within the environmental classes are more similar to each other than any sites from other classes (i.e., complete separation of classes), and is close to 0 if the similarity is the same between and within classes (i.e., little or no segregation of classes). Significance can be attributed by permuting the class membership, creating a distribution of R under the null model of no differences. Because the large number of sites can create statistical significance despite only subtle biological significance, we used the R statistic as a measure of effect size for comparing the relative importance of categorical environmental variables against each other and across the multiple scales (Klamath Ecoregion, vegetation formation, park unit).
The best performing subset of continuous environmental variables was examined using the Primer-E routine Biota-Environment (BIOENV), either by looking at every possible combination of environmental variables or by a step-wise inclusion/elimination process where too many combinations existed. For these possible combinations, a Spearman's ρ was calculated. The best performing set of environmental variables were those that maximize ρ, while minimizing the number of environmental variables. Significance of the best performing subset can be determined via a permutation test as described previously.
How these best fit environmental variables correlate with the bird community plots was visualized using exploratory vector overlays on the NMS ordinations, where the continuous environmental variable is correlated to the axes, with the overall direction and correlation strength being a function of the two axes (utilizing the Pythagorean Theorem). Although purely correlative, these biplots offer insight into the relationships between sites and environmental variables.
Results
There were 96 songbird (passerine), woodpecker, and hummingbird species detected in the Klamath Ecoregion (S1 Table) . The cluster analysis revealed 34 statistically distinct bird groups (Table 1) . Each group was comprised of one (0.1%) to 577 (28.9%) sites. Five groups that were made up of only a single site or a single species were dropped; 29 groups (retaining 1990 of 2000 sites and all species) were included in further analyses. Average similarity within groups ranged from 26% to 47% (Table 1 ). The number of species making up individual groups ranged Summary of statistically defined bird groups as determined with Similarity Profile (SimProf). "Group" is the arbitrary SimProf identifier. Defining bird species (see S1 Table for common and scientific names) are species contributing to 90% or greater of the overall group similarity (SIMPER), an asterisk indicates too few plots or species (<2) for inclusion in further analyses. Average similarity is average within group pair-wise Sørensen similarity. Total number of species and average number of species for all sites contributing to each group are provided. See methods for additional explanation. from 14 to 77, with 90% of the similarity within each group explained by two to 16 "defining" species. The average number of species per site within a group ranged from 3.6 to 9.5 (Table 1) .
Klamath Ecoregion
Across the region, of eight categorical variables included in analyses the three broadest vegetation variables were most influential: environmental site potential, existing vegetation formation groups, and broad classification ( Table 2) . Bird groups were strongly related to continuous environmental variables (Table 3) ; six of these were best correlated including two climate, two geography, and two vegetation variables (Table 4) .
Vegetation Formation
We associated each bird group with one of four broad vegetation formations in the Klamath Ecoregion: agriculture, conifer forest, mixed conifer/hardwood forest, and shrubland (S3 Table) . Of the eight categorical variables included in analyses, the two broadest vegetation variables were most influential-environmental site potential and existing vegetation formation groups (Table 2) . Bird groups in all vegetation formations were correlated with one or more continuous variables (Table 3 ). The agriculture formation was the least sampled across the region; it included 80 sites (4%) and three bird groups. Of the eight categorical variables included in analyses, agriculture bird groups were significantly correlated with most, excluding existing vegetation formation broad classification, succession type, and disturbance category ( Table 2) . Only a single continuous environmental geography variable, elevation, was correlated to the species space gradient (Table 4) , although weaker correlations with km to coast, breeding season temperature range, and mean temperature warrant noting (Table 3) . Fourteen bird species drive the species space gradient associated with elevation (Fig 2a and 2b) .
The majority of study sites, 1411 of 1990 (90%), were located in the conifer forest formation. Fourteen of 29 bird groups were attributed to conifer forest. The two groups in conifer forest with the largest number of species, 76 and 77, included the greatest number of sites, 372 and 577 respectively, in combination making up 48% of our study sites (Table 1, S3 Table) . Of the eight categorical variables, conifer forest bird groups were significantly correlated with all except disturbance category ( Table 2) . Four continuous environmental variables were best correlated with bird groups in conifer forest, two climate variables, one geography variable, and one vegetation variable (Tables 3 and 4) . Seven bird species were the dominant drivers of two species space gradients associated with four environmental variables (Fig 3a and 3b) . The mixed conifer-hardwood formation made up the second greatest number of sites, 385 (19%), and included eight bird groups (Table 1, S3 Table) . Of the eight categorical variables included in analyses, mixed conifer-hardwood forest bird groups were significantly correlated with most, excluding existing vegetation formation broad classification, aspect, and disturbance category (Table 2) . Four continuous environmental variables were best correlated with bird groups in mixed conifer-hardwood forest, three climate variables, and one vegetation variable (Tables 3 and 4) . Three bird species were the dominant drivers of two species space gradients associated with four environmental variables (Fig 4a and 4b) .
The shrubland formation included 114 sites and four bird groups (S3 Table) . Of the eight categorical variables, shrubland bird groups were significantly correlated with all except the disturbance category (Table 2) . Five continuous environmental variables were best correlated with bird groups in shrubland, two climate variables, one geography variable, and two vegetation variables (Tables 3 and 4) . Four bird species were the dominant drivers of two species space gradients associated with five environmental variables (Fig 5a and 5b) .
National Park Service Unit
Five of the six National Park Service units had large enough sample sizes to support meaningful analyses of statistically different bird groups. Oregon Caves NM did not have enough sites (only 3) to examine correlations with environmental variables, so for this park unit only bird groups were described. For the five park units included in analyses the two broadest vegetation variables were most influential, environmental site potential and existing vegetation formation groups of the eight categorical variables ( Table 2 ). All five park units were correlated with continuous environmental variables (Tables 3 and 4) . We provide park-specific findings below. Crater Lake NP included six bird groups, two in conifer forest and four in mixed conifer/ hardwood forest (S3 Table; Figs 3a and 4b). By far the greatest number of sites (56) was in the most common conifer forest bird group (group m in Table 1 ). Bird groups at Crater Lake NP were significantly correlated with environmental site potential, existing vegetation formation, and existing vegetation cover (Table 2) . Six continuous environmental variables were best correlated; the strongest correlation was with breeding season mean temperature, although the relationship was only moderately strong (rho = 0.38) ( Tables 3 and 4) .
At Lassen Volcanic NP, like Crater Lake NP, the majority of sites were conifer forest (S3 Table) , with the greatest number of points contributing to the most common bird group (group m in Table 1 ; Fig 3a and 3b) . Nine additional conifer forest bird groups were present, along with 3 mixed-conifer/hardwood and one agricultural bird group. Bird groups at Lassen Volcanic NP were significantly correlated with environmental site potential, existing vegetation formation, and aspect (Table 2) . Six continuous environmental variables were best correlated with bird communities, with the strongest correlation with km to any stream, although the relationship was not very strong (rho = 0.37) (Tables 3 and 4) .
At Lava Beds NM, 88% of sites were shrubland (S3 Table) , with 41 sites in a single bird group (group ag in Table 1 ; Fig 5a and 5b ). There were also three conifer forest (Fig 3a and 3b) and two mixed conifer/hardwood bird groups (S3 Table; Fig 4a and 4b) . Bird groups at Lava (Table 4) . See S1 (Table 4) . See S1 (Table 4) . See S1 (Table 4) . See S1 Beds NM were significantly correlated with environmental site potential, existing vegetation formation groups, existing vegetation formation broad classification, existing vegetation formation class, and disturbance (Table 2) . Five continuous environmental variables were best correlated with bird groups at Lava Beds NM, with the strongest correlation to elevation (Tables 3 and 4) . There were only three sites in Oregon Caves NM and each was a distinct bird group; two were conifer forest (Fig 3a and 3b) and one was mixed conifer/hardwood forest (S3 Table, Fig  4a and 4b) . As was noted above, because of its small size, this park unit did not have enough sites to analyze independently with environmental variables.
Redwood NSP had five bird groups, with the greatest number of sites (21) in one of the three conifer forest bird groups (group ac in Table 1 ; Fig 3a and 3b) , and another two groups in mixed conifer/hardwood forest (S3 Table; Fig 4a and 4b) . Bird groups at Redwood NSP were significantly correlated with environmental site potential category, existing vegetation formation groups, existing vegetation formation class, succession, aspect, and disturbance ( Table 2) . Six continuous environmental variables were best correlated with bird groups in this park unit, with the strongest correlations with km to coast and elevation (Tables 3 and 4) .
Whiskeytown NRA included twelve bird groups: seven conifer forest (Fig 3a and 3b ) and five mixed-conifer hardwood (S3 Table; Fig 4a and 4b) . Bird groups at Whiskeytown NRA were significantly correlated with environmental site potential, existing vegetation formation groups, and disturbance ( Table 2 ). The majority of sites contributed to two mixed-conifer hardwood bird groups (groups p and z in Table 1 ). Six continuous environmental variables were best correlated with bird groups at this park unit, with the strongest correlations being breeding season mean temperature and elevation (Tables 3 and 4) .
Discussion
We examined avian community ecology in the Klamath Ecoregion and determined that individual bird species co-exist spatially to form 29 bird groups, i.e. communities. Because patterns and processes of bird communities are scale dependent, we identified whether climate, geography, and vegetation variables were correlated to communities at three spatial scales: Klamath Ecoregion, vegetation formation, and National Park Service unit. Both continuous and categorical environmental variables were correlated with bird communities at all three spatial scales, suggesting that climate, geography, and vegetation interactively govern bird community distributions across the Klamath Ecoregion.
Two climate variables, breeding season mean temperature and temperature range, were correlated at all scales, but only with select vegetation formations and park units. Similarly, elevation, a geography variable, was correlated with all scales, but again only with select vegetation formations and park units. Although elevation was important at all scales, it is likely influencing birds differently based on the elevation range extent and extremes of a given scale. At the scale of the Klamath Ecoregion, elevation ranges from sea level to~2000 meters; we would expect clearly differentiated bird communities across such an extreme biophysical gradient. In the north Cascades, Siegel et al. [51] found the narrowest elevation ranges for a small subset of species that were restricted to low or high elevation. We found elevation was not important in vegetation formations that tend to occur in a more narrow elevation band (i.e., mixed conifer/ hardwood and shrubland).
Other geography variables differed by scale; aspect was important to three of four vegetation formations and two park units, and a greater number of geography variables were important at the park unit scale (e.g., km to any stream, km to lake or stream, slope). Two categorical vegetation variables, environmental site potential and existing vegetation formation groups were important at all spatial scales, vegetation formations, and park units. Canopy cover or vegetative productivity was also important at all scales, all vegetation formations with the exception of agriculture, and all park units. Additional vegetation variables became important at the scale of vegetation formation (i.e., succession) and park unit (i.e., disturbance).
Klamath Ecoregion
As expected, we found bird community patterns with climate zones, geographical barriers, and vegetation formation within the Klamath Ecoregion [2, 52] . Because of the complex geology of this region, it is likely that physical and biological controls interact, either continuously or abruptly, to create the spatial pattern of species composition and distribution. For birds, much of the landscape is effectively permeable and thus the mechanisms controlling geographic distributions appear to be individualistic and largely intangible (sensu [53] ). Other studies have shown range boundaries to be correlated with temperature and other climate variables, but it is debatable whether such boundaries are direct climate limitations or differences associated with habitat, food resources, the presence of competitors, or some combination of all three. In a study of species distributions in the Eastern Andes Terborgh [54, 55] found continuous elevation-driven, discrete (ecotonal), and competitive effects on biological distributions of individual species. In contrast, in a study of intermountain bird biogeography, Johnson [56] noted a rapid change in bird distributions east of the physiographic break of the Cascades-Sierra crest (at the east of the Klamath Region), yet a more gradual change across southern Nevada. He considered both to be climatically-driven gradients that were largely independent of competition [56] . We found that bird communities were organized along two gradients, one with elevation and breeding season mean temperature, explained largely by the heterogeneity of this region. A second gradient was correlated with canopy cover, vegetative productivity, and km to any road, suggesting that dense forest structure may be an important factor.
Vegetation Formation
Elevation was the only variable correlated with agricultural bird communities, while vegetative productivity, canopy cover, and either breeding season mean temperature or temperature range were important for all other vegetation formations. The agriculture formation contained three bird communities. The community with the greatest number of sites (group ad) included five riparian and wetland species (Red-winged Blackbird, Song Sparrow, Yellow-headed Blackbird, Savanna Sparrow, Marsh Wren) and had high average similarity (46%) [57] . The next most common group (group v) had the greatest number of defining species of any community and the greatest average species per site (9.5). The species in that group were diverse, including those associated with riparian (Bullock's Oriole, Yellow-breasted Chat), oak woodland (Oak or Juniper Titmouse, Downy Woodpecker, White-breasted Nuthatch), open shrubland (Spotted Towhee, Western Wood-pewee), and development or fragmentation (House Finch, Brownheaded Cowbird) [57] . House Finch and Brown-headed Cowbird also contributed to the third agriculture community (group t) along with two generalists (American Robin, House Wren) [57] . The bird communities suggest that the agricultural formation likely includes marsh habitat as well as farmland, and also that presence of individual bird species is likely influenced by adjacent edge habitats.
Within conifer sites, which were both the most abundant formation type, and characterized by the largest number of associated bird communities (14) , habitat gradients were associated with elevation and breeding season mean temperature. The primary gradient for conifer formation was driven by bird species associated with elevation (e.g. Mountain Chickadee in groups k, l, m, and n) and breeding season mean temperature (e.g. Spotted Towhee in groups q, r, x, z and y). Among those communities there were distinct differences in bird species that can be attributed to forest conditions and habitat characteristics. The most common community (group m) included species that are indicative of conifer forest with mature overstory trees (e.g. Red-breasted Nuthatch, Hermit Warbler), but is missing species that require subcanopy or shrubs (e.g. Black-headed Grosbeak) [57] . In contrast, the second most common community (group r) includes species that use both mature overstory (e.g. Red-breasted Nuthatch, Hermit Warbler), as well as those that prefer subcanopy (e.g. Western Tanager, Cassin's Vireo), and shrub components (e.g. Black-headed Grosbeak, Nashville Warbler, MacGillivray's Warbler) [57] . Two bird communities include species associated with older trees and mature forest structure (i.e. large snags and downed wood) (e.g. Pacific Wren, Brown Creeper, Swainson's Thrush); in combination they made up 4% of our study sites. The third most common conifer community (group y) includes species that use riparian deciduous subcanopy and shrubs (e.g. Song Sparrow, Bullock's Oriole, Warbling Vireo) [57] . One of the communities (group j) with the fewest sites had five defining species, two of those riparian associates (Song Sparrow, MacGillivray's Warbler) with a high average similarity (44%) [57] . These communities correlate with the primary conifer forest gradient and were positively correlated with breeding season mean temperature and breeding season temperature range, likely because areas of low elevation tend to include valley bottoms with riparian habitat and a warmer climate. Three conifer communities (groups h, q, x) were strongly driven by shrub associated species that prefer an open overstory (e.g. Olive-sided Flycatcher, Fox Sparrow, Western Woodpewee, Lazuli Bunting) [57] .
Bird communities in mixed conifer/hardwood forest fell along a gradient of vegetative productivity, annual precipitation, and breeding season temperature range. The species that contributed to those communities represent diverse components of mixed-conifer habitats ranging from conifer stands with a deciduous subcanopy in wetter, more maritime climates to pure oak woodlands in drier, more variable interior climates. The two communities that included the greatest number of sites (groups s and z) included species indicative of a deciduous subcanopy (e.g. Western Tanager, Western Wood-pewee) as well as a shrub component (Black-headed Grosbeak, Spotted Towhee) [57] . One of these groups included Black-throated Gray Warbler, a strong indicator of a robust deciduous subcanopy, often black oak (Quercus kelloggii) [57] . A high percentage of sites at Whiskeytown NRA were in mixed conifer/hardwood forest (groups p, r, and z) and they fell along the vegetative productivity and breeding season temperature gradient, also positively related to breeding season mean temperature. Areas where conifer and hardwood zones meet and overlap likely reflect a community that includes species unique to each. In a study in Spain, no species used only transitional oak-pine forest zones, rather these areas were inhabited by both oak and pine associated species, resulting in a slightly higher richness than either oak or pine forest alone [58] . Birds highly associated with oak woodland habitats (e.g. Oak or Juniper Titmouse, Acorn Woodpecker, White-breasted Nuthatch) were important in only a single group (group w) and had a relatively high average similarity (41%) [57] . This bird community was important in defining the gradient in mixed conifer/hardwood forest, with Acorn Woodpecker and Oak or Juniper Titmouse correlated with the ordination axes (Fig 4a) . This highlights the importance of this unique, limited, and patchy vegetation formation. This is a vegetation formation that is projected to benefit from climate change in the Klamath Ecoregion [59] .
The four communities in shrubland were spread along an environmental gradient associated with canopy cover and vegetative productivity, likely explained by a transition from shrubland to grassland. This is consistent with findings from Knick et al. [28] , where a small set of habitat features were the primary drivers of shrub-steppe bird communities, interacting to a lesser extent with topography and geographic location. The greatest number of sites (group ag) was comprised of shrub (i.e. Spotted Towhee, Bewick's Wren) and rock (i.e. Rock Wren) associated species. The second most common (group ah) was notable for its grassland associated species (e.g. Horned Lark, Vesper Sparrow, Savanna Sparrow) [57] . Grassland species (i.e. Western Meadowlark) at the low end of the canopy cover and vegetative productivity ordination gradient are among our most at risk species [57] .
National Park Service Units
At the scale of National Park Service units, we found correlations with a number of vegetation variables as expected [2] . However, we also found correlations with climate and geography, which we had not anticipated. Many of the climate and geography variables that were correlated at broader scales, such as breeding season mean temperature, annual precipitation, and elevation, were correlated with most of the park units, suggesting a range of conditions that is quite diverse even at this smaller scale. This is likely a reflection of the relatively high diversity of this region overall [19, 22] . There were some correlations that were unique to the park unit scale; km to any stream or km to lake or stream were important for Crater Lake NP, Lassen Volcanic NP, Lava Beds NM, and Whiskeytown NRA. These geography variables were not important at the scale of the Klamath Ecoregion or for any vegetation formation. Disturbance was related to bird communities at Lava Beds NM and Whiskeytown NRA, but was not recognized in broader scale analyses.
There were no bird communities unique to the National Park Service units; all communities present in the park units occurred elsewhere in the Klamath Ecoregion. In contrast, seven communities did not occur in any park units, and six of those were relatively uncommon (i.e. comprised of less than 2% of sampling points). The oak woodland associated community (group w), which comprised 2.1% of total sites, was not present in the park unit sites suggesting this habitat type and associated bird community is under represented on National Park Service lands within the Klamath Ecoregion. Oak woodland occurs at Whiskeytown NRA and Redwood NSP, but in lesser proportions than in the larger region.
The community that is most heavily represented in the park units (group p) is a mixed conifer/hardwood community. Whiskeytown NRA included 37% of sites in this community. Whiskeytown NRA had 15 additional sites contributing to the similar, but shrubbier, community (group z). Both included Black-throated Gray Warbler, a strong indicator of deciduous subcanopy (often oak), and the latter including a number of shrub associated species as well. Lava Beds NM showed equal importance for shrubland communities, containing 61% of sites in the shrub and rock associated community and 12% of sites in the grassland community.
Sixteen percent of sites contributing to the most common community (group m) in conifer forest were located in park units, primarily at Crater Lake NP and Lassen Volcanic NP, with 56 and 38 sites respectively, but also present at Oregon Caves NM, Redwood NSP, and Whiskeytown NRA. In contrast, park units made up only 3% of the second most common community, also conifer, with a subcanopy and understory component suggesting a mid-elevation forest type that is not well represented in the park units, further supported by the clustering of Crater Lake NP and Lassen Volcanic NM with high elevation in the conifer formation. In contrast, a relatively uncommon conifer community which includes species associated with mature conifer forest in combination with a riparian component was found in three park units, making up 4 of the 11 sites in the Klamath Ecoregion. This indicates a strong representation of riparian environments in mature forest at Lassen Volcanic NP, Redwood NSP, and Whiskeytown NRA, an important contribution to this imperiled habitat type that is of particular significance to birds [60, 61] . The community that contains species associated with mature forest structure is well represented in Redwood NSP, where 34% of sites were located, and was also present at Oregon Caves NM and Lassen Volcanic NP.
Conclusion
We found 29 distinct bird communities in the Klamath Ecoregion, defined as individual suites of species co-occurring on the landscape at a given time [2, 3] . Further study that explores functional differences among these communities is of interest and would have conservation implications beyond this work. In this study, we examined how patterns at three spatial scales (Klamath Ecoregion, vegetation formation, and National Park Service unit) correlated with gradients of climate, geography, and vegetation. Although we speculated that climate would be most important at the ecoregion scale, we found that two climate variables, breeding season mean temperature and temperature range, were correlated at all scales, suggesting that for some vegetation formations and park units there was sufficient variation in climate to be influential on bird communities. We expected vegetation variables to be most important at the park unit scale, but found broad metrics (environmental site potential and existing vegetation formation groups) meaningful across all scales; additional structural vegetation patterns were important at the scale of vegetation formation and park unit. The National Park Service units in the Klamath Ecoregion are inclusive of most bird communities with the exception of the oak woodland bird community; mature conifer forests are well represented, primarily associated with conifer canopy and lacking multi-layered structure. Overall, our results suggest that climate, geography, and vegetation interact across the Klamath Ecoregion, vegetation formations, and park units consistent with the high biodiversity of this region. Table. Bird groups, vegetation formation, and park unit. Summary of statistically defined bird groups as determined with Similarity Profile (SimProf). "Group" is the arbitrary SimProf identifier, an asterisk indicates too few plots or species (<2) for inclusion in further analyses. Groups are classified into a single vegetation formation and the number of park unit sites that contribute to each group are included. See Table 1 and methods for more explanation.  (DOCX) from Klamath Bird Observatory, Point Blue Conservation Science, and U.S. Forest Service Redwood Sciences Laboratory were accessed through Avian Knowledge Northwest (www. avianknowledgenorthwest.net) in partnership with the California Avian Data Center (http:// data.prbo.org/cadc2/). Thanks to Ryan Burnett for his assistance on the application of the Point Blue dataset. A variety of agencies and organizations helped to develop and maintain the environmental datasets utilized for this project. Without their information this project would not have been possible, we would specifically like that thank NASA LP DAAC, National Park Service NPScape Staff, PRISM Climate Group, and the US Geological Survey. We appreciate the assistance of Ellie Armstrong, Caitlyn Gillespie, Sarah Rockwell, and Andrew Wiegardt with final formatting of the text and figures. Daniel Sarr passed away before the submission of the final version of this manuscript. Jaime Stephens accepts responsibility for the integrity and validity of the data collected and analyzed. The views and conclusions contained in this document are those of the authors and should not be interpreted as representing the opinions or policies of the U.S. Government. Mention of trade names or commercial products does not constitute their endorsement by the U.S. Government.
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